The human faculty for object-mediated action, including tool use and imitation, exceeds that of even our closest primate relatives and is a key foundation of human cognitive and cultural uniqueness. In humans and macaques, observing object-directed grasping actions activates a network of frontal, parietal, and occipitotemporal brain regions, but differences in human and macaque activation suggest that this system has been a focus of selection in the primate lineage. To study the evolution of this system, we performed functional neuroimaging in humans' closest living relatives, chimpanzees. We compare activations during performance of an object-directed manual grasping action, observation of the same action, and observation of a mimed version of the action that consisted of only movements without results. Performance and observation of the same action activated a distributed frontoparietal network similar to that reported in macaques and humans. Like humans and unlike macaques, these regions were also activated by observing movements without results. However, in a direct chimpanzee/human comparison, we also identified unique aspects of human neural responses to observed grasping. Chimpanzee activation showed a prefrontal bias, including significantly more activity in ventrolateral prefrontal cortex, whereas human activation was more evenly distributed across more posterior regions, including significantly more activation in ventral premotor cortex, inferior parietal cortex, and inferotemporal cortex. This indicates a more "bottom-up" representation of observed action in the human brain and suggests that the evolution of tool use, social learning, and cumulative culture may have involved modifications of frontoparietal interactions.
Introduction
Humans' manual interactions with objects are part of what sets us apart from the rest of the animal kingdom. We manipulate and alter objects individually and cooperatively; create and use tools; and understand, learn from, and copy each other's object-related actions in ways that other species do not. This faculty for objectmediated action creates a new medium for the elaboration of human culture and cognition and may provide a foundation for key aspects of human uniqueness (Schiffer, 1999; Clark, 2008; Iriki and Sakura, 2008) .
Human neuroimaging studies have identified a distributed frontoparieto-occipitotemporal network involved in the observation of object-directed grasping actions (Iacoboni et al., 1999; Buccino et al., 2001; Caspers et al., 2010; Jastorff et al., 2010; Molenberghs et al., 2012) . Studies in macaques reveal a similar network, but with relatively greater frontal activation and less parietal activation during grasping observation (Nelissen et al., 2005) and relatively greater prefrontal activation when viewing objects (Denys et al., 2004) . In particular, fMRI studies have found evidence of 3D-structure-from-motion processing in human but not macaque intraparietal sulcus (Vanduffel et al., 2002) and sensitivity to the observation of tool use in human but not macaque anterior inferior parietal cortex ). It has also been shown that macaque mirror neurons only respond to actions that have physical results on objects (transitive actions such as grasping an object) and not to actions that consist of movements without results (intransitive actions such as miming a grasping movement; Rizzolatti et al., 1996) , whereas homologous human regions are activated by intransitive actions (Buccino et al., 2001; Binkofski and Buccino, 2006; Filimon et al., 2007; Lui et al., 2008) . Therefore, evidence indicates that the human brain responds to observed object-related actions differently from other primates, which has broad relevance for the evolution of human behavior.
To pinpoint any uniquely human features of these neural systems, it is crucial to perform direct comparisons with our closest living relatives, chimpanzees. Rhesus macaques, the most common neuroscience model species, are separated from humans by approximately 25 million years of divergent evolution (Goodman et al., 1998) and rarely or never produce many of the complex object-related behaviors that are characteristic of humans, such as tool use and imitation (Visalberghi and Fragazy, 2002) . In contrast, chimpanzees do use tools (Goodall, 1964; Whiten et al., 1999) , do imitate in some circumstances (Whiten et al., 2009) , and are humans' closest living relatives, separated by approximately 6 million years (Goodman et al., 1998) . Chimpanzee neuroscience research is extremely rare and difficult given that ethical and safety considerations preclude most of the neuroscience methods used in humans and monkeys. However, the Yerkes National Primate Research Center has developed the use of a functional neuroimaging method, FDG-PET, to map chimpanzee regional cerebral glucose metabolism during awake behavior Taglialatela et al., 2008; Parr et al., 2009; Taglialatela et al., 2011) . Building on these achievements, we performed a parallel PET imaging study in humans and chimpanzees. We characterize here the response properties of the chimpanzee grasping execution/observation network and also report a direct, quantitative chimpanzee/human comparison for grasping observation.
Materials and Methods
Subjects. Chimpanzee subjects included four individuals (two male, two female) housed at the Yerkes National Primate Research Center. All had previous experience working on cognitive behavioral tasks. Chimpanzee procedures were approved by the institutional animal care and use committee at Emory University. Human subjects included six individuals (three male, three female) recruited from the graduate and undergraduate student population at Emory University. All human subjects were neurologically and psychiatrically normal and were right-handed by selfreport. Human subjects gave written consent and procedures were approved by the institutional review board of Emory University.
Chimpanzee behavioral tasks. Chimpanzees underwent three functional neuroimaging conditions ( Fig. 1): (1) performance of a manual, transitive (object-directed) grasping action; (2) observation of a human experimenter demonstrating the same action; and (3) observation of an Figure 1. Chimpanzee behavioral tasks. A, Reach-to-grasp action used in tasks. The ball is fed into a downward-slanting chute. The chimpanzee reaches toward and grasps the ball, navigates around the internal divider, and places the ball into another chute, where it rolls back to the experimenter. B, Action execution condition. The chimpanzee performed the reach-to-grasp action while an experimenter passed the ball through the chutes. This experimenter was hidden behind an opaque screen, but a second, inactive experimenter was visible. This controlled for the presence of a visible human in the observation condition and also allowed the chimpanzee's behavior to be monitored. All sides of the box were opaque, so the chimpanzee could not see his own hand movements. C, Transitive and intransitive observation conditions. The top and 1 side of the box were replaced with clear Plexiglas. The experimenter performing the actions was visible, but the second experimenter was hidden. In the transitive observation condition, the experimenter performed the actions as in A. In the intransitive observation condition, the experimenter mimed these same actions without touching any object. D, Control for the perception of object movement in the intransitive observation condition. The ball was slid in and out of the box along a transparent thread, interspersed with the experimenter's mimed grasping actions. The chimpanzee was unable to see the experimenter's hand moving the thread.
intransitive version of this action in which the demonstrated grasping movement was mimed without touching any object. This intransitive condition also included the observation of object movement so that any differences in activation between the transitive and intransitive observation conditions could be attributed specifically to the presence or absence of an object-directed grasp. Chimpanzees performed grasping actions in the execution condition with the right hand; these actions were performed inside a metal box so that subjects were unable to view their own movements. The human demonstrator performed the actions in the observation conditions with the right hand in the same box. Chimpanzees were trained on the motor task for the execution condition using behavioral chaining. They were similarly trained to watch the demonstrated actions while sitting and not moving for the observation conditions. Subjects were considered fully trained when they could perform the intended behaviors (grasping or sitting still and watching) for 30 min with Ͻ3 min of off-target behavior. Therefore, by the time scans were acquired, subjects were very well practiced at the tasks. Subjects were offered small sips of sugar-free Kool-Aid when necessary to maintain motivation at the task. No subject received more than approximately 150 ml and the experimenter's hand motions when lifting the bottle were hidden. Scans from a previously published study were also available, in which chimpanzee subjects were freely resting in their enclosures without any specific motor task, perceptual stimulus, or behavioral instructions (Fig. 2 in Rilling et al., 2007) . However, it is important to note that, in contrast to standard fMRI control tasks, which are highly controlled, this rest condition did include a low level of motor activity and the ability to observe normal environmental surroundings, because neither movement nor vision can be practically or ethically restrained in chimpanzees.
Human task. Human subjects underwent a transitive action observation condition analogous to the second chimpanzee condition. Human stimuli consisted of 12 separate videos, each ϳ2 s in length, depicting object-directed, reach-to-grasp actions by a human hand . The depicted actions included both precision and whole-hand grips of a ball and a block (both approximately golf ball sized) as well as a smaller pebble (approximately dime sized). Screenshots of these videos, as well as a photograph of the comparable chimpanzee stimulus, are shown in Figure 2 . Videos were looped end-to-end in a quasirandom order with no repeats to produce a continuous 45 min stream. Human subjects were instructed to sit quietly without moving and observe the videos.
FDG dosage. FDG-PET uses FDG, a glucose analog radiolabeled with 18 F. FDG is taken up by cells in the same manner as glucose but becomes temporarily trapped inside the cell; photons that result from decay are detected by the scanner and metabolism then completes normally (Reivich et al., 1979) . Chimpanzee subjects drank a 15 mCi dose of FDG mixed in sugar-free Kool-Aid, performed the behavioral task for each condition, and then were anesthetized and scanned. Human subjects received a 10 mCi intravenous dose of FDG, observed the perceptual stimuli, and then were scanned. The human dose was lower due to the direct, intravenous dosage method. Therefore, in scan images, brighter regions indicate areas of increased metabolism during the task. This method was developed at the Yerkes National Primate Research Center and is the only methodology available for functional neuroimaging in awake, behaving chimpanzees Taglialatela et al., 2008 Taglialatela et al., , 2011 Parr et al., 2009; ) . FDG gray matter absorption after oral dosage rises slowly for approximately 10 min and then rises sharply . During initial chimpanzee behavioral training, it became apparent that it was difficult for our tasks to hold the chimpanzees' attention for sustained periods, and we wanted to ensure maximally focused behavior during the period of greatest FDG uptake. Therefore, in the 10 min after dosage, chimpanzees rested quietly in their cage. During this period, behavior was videotaped and monitored remotely via live feed to ensure that no actions took place that could confound image interpretation. Humans, other chimpanzees, and manipulatable objects were all removed from the subject's vicinity. Ten minutes after dosage, the behavioral task began.
Because each FDG-PET scan averages brain activity over the entire 45 min uptake period, the homogeneity of the subject's behavior during that period is crucial for linking brain activation to the task. Although the chimpanzees' behavior was not physically constrained, we were able to ensure behavioral homogeneity across conditions by only scanning subjects when their behavior conformed to predefined criteria. If the total time of non-task-related hand or mouth activity exceeded predefined thresholds, the scan was cancelled and reattempted at a later date. Between one and five chimpanzee scans were aborted for every one successfully obtained. The thresholds for cancellation were as follows: Ͼ3 min performing mouth movements or reaching/grasping actions with the hand or arm; Ͼ3 min in any other activity not involving the hands, arms, or mouth; Ͼ10 min being inactive but not engaged in the task. Behavior of both chimpanzee and human subjects between FDG dosage and scan acquisition is listed in Table 1 . During the entire 45 min uptake period, chimpanzee subjects spent an average of 2:32 in non-task-related activity (5.62% of total uptake time); humans spent an average of 2:22 (5.26% of total uptake time). Image acquisition. Human subjects were scanned 45 min after dosage. At this same time point, chimpanzee subjects were sedated with Telazol (4 -5 mg/kg, i.m.), anesthetized with propofol (10 mg/kg/h), and then scanned. Both human and chimpanzee subjects were scanned using previously described procedures Parret al., 2009) with the same Siemens high-resolution research tomograph, which acquires 207 slices (1.2 mm slice separation) with a reconstructed image resolution of ϳ3 mm. Images were reconstructed with corrections for motion, attenuation, scatter, randoms, and dead time. PET image pixel size was 1.22 mm isotropic. Chimpanzee T1-weighted MRI scans were acquired as described previously Parr et al., 2009 ) with a 3.0-Tesla Trio scanner (Siemens) at a resolution of 0.63 ϫ 0.63 ϫ 0.60 mm. Human T1-weighted MRI scans were also acquired with a 3.0-Tesla Trio scanner (Siemens) at a resolution of 1.0 ϫ 1.0 ϫ 1.0 mm.
Image analysis. Chimpanzee and human images were analyzed in exactly the same way. PET images were coregistered to and masked with skull-stripped MRI images so that only voxels relating to the brain would be analyzed. Each image was normalized by dividing it by its own mean voxel value so that images could be compared across subjects and conditions. Each image was smoothed using a 4 mm kernel. In the chimpanzee dataset, group statistical analyses were performed using SPM to identify differences in activation between conditions. Scans were analyzed using a full factorial model in SPM5 with one factor (condition) with four levels (execution, transitive observation, intransitive observation, rest). For these group-level SPM analyses, the threshold was set at p Ͻ 0.05, uncorrected. This liberal threshold was chosen due to the relative similarity between the experimental and control conditions (i.e., the no-task control scans included a low but non-zero level of motor actions and were not free from visual stimulation because the subjects could see their normal surroundings). In both the chimpanzee and human datasets, we also performed within-subjects analyses. In these individual analyses, each image was thresholded to include only the top 1% of the robust mean of the histogram of voxel values in that condition. This threshold was chosen in the interest of providing a relatively conservative map of the wider distributed network involved in the tasks (Rilling et al., 2007 used 5%) . The number of activated voxels in each ROI, in each condition, in each subject was calculated. 3D images of brain activations were created using MRIcron with an 8 mm search depth. PET activations were overlaid on our nonlinearly averaged, 36-subject chimpanzee brain template (Li et al., 2010) or the MNI 1 mm nonlinear human template for the group analyses and on each subject's own T1 MRI scan for the withinsubjects analyses.
ROI definition. A map of chimpanzee cortical anatomy drawn on our chimpanzee brain template is included so that readers can orient themselves to the location of our ROIs and surrounding brain regions (Fig. 3A) . For the chimpanzee analyses, ROIs were drawn by hand in each subject's T1 MRI image ( Fig. 3B ). Human Brodmann area (BA) 44 is homologous to chimpanzee FCBm, which occupies the pars opercularis of the inferior frontal gyrus (Bailey et al., 1950) . Human BA 40 is homologous to chimpanzee areas PFD/PF, which occupy the anterior part of the supramarginal gyrus in inferior parietal cortex (Bailey et al., 1950) . For the comparative chimpanzee/ human analyses, we used a larger set of ROIs covering most of frontal, parietal, and occipitotemporal cortex. These ROIs were drawn on the chimpanzee and human templates and were defined by an experienced comparative chimpanzee/human neuroanatomist (T.M.P.) on the basis of clearly identifiable landmarks and homologies in cytoarchitectonics, as described by previously published atlases and studies (Brodmannn, 1909; Economo and Parker, 1929; Bailey, 1948; Von Bonin, 1948; Bailey et al., 1950; Schenker et al., 2010) . These ROIs are illustrated in Figure 11A and are anatomically defined in Table 2 .
Results

Characterization of chimpanzee grasping networks: action execution, transitive observation, and intransitive observation
Whole-brain group-level analyses using SPM Initial whole-brain group-level comparisons revealed that the major differences between the experimental conditions and rest occurred in cerebellum and brainstem. Therefore, for further group-level statistical analyses, we masked the cerebellum and brainstem to investigate more directly activation differences in the cerebrum.
SPM comparisons between conditions are rendered on the 3D chimpanzee template brain in Figure 4 ; coronal slices are shown in Figure 5 ; coordinates for activation peaks are given in Table 3 . The Execution Ͼ Rest contrast revealed left-lateralized clusters of activation in primary motor cortex (in the vicinity of the hand and arm representations), ventral premotor cortex, inferior frontal gyrus, inferior parietal cortex, and lateral temporal cortex ( Fig. 4A , 3D renderings; Fig. 5A , coronal slices). Similar frontal and temporal regions were active in the Transitive Observation Ͼ Rest and Intransitive Observation Ͼ Rest contrasts ( Fig. 4 B, most likely in area AIP. Small clusters also occurred around the border of the precentral gyrus (area FBA, homologous to BA 6) and pars opercularis of the inferior frontal gyrus (area FCBm, homologous to BA 44). The SPM contrasts for Transitive Observation Ͼ Execution and Intransitive Observation Ͼ Execution produced clusters in lateral temporal cortex, especially on the right side ( Fig. 4 F, G, 3D renderings; Fig. 5 F, G, coronal slices) . These contrasts also produced clusters in anterior inferior frontal gyrus, probably area FCBm (homologous to BA 44), as well as scattered small clusters in dorsal premotor and dorsolateral prefrontal cortex, probably including the frontal eye fields (area FD⌫).
The SPM contrast for Transitive Observation Ͼ Intransitive Observation produced clusters at the border between the Bailey et al. (1950) , although our abbreviations follow more modern conventions. Cortical areas are denoted according to the system of Bailey et al. (1950) and Bailey (1948) based on Economo's system in humans (Economo and Parker, 1929) . For most areas, there is a fairly straightforward correspondence between the Bailey et al. (1950) areas and their counterparts in Brodmannn's human map (Brodmannn, 1909; Von Bonin, 1948) , and we have added Brodmannn numbers in parentheses below the Bailey et al. (1950) Ventral premotor cortex (PMv) Bordered posteriorly by the M1/S1 ROI, superiorly as described above, and anteriorly by the inferior precentral sulcus.
FBA (BA 6) Its anterior border is the inferior precentral sulcus. Its posterior border is a vertical line from the lateral sulcus to the superior tip of superior precentral sulcus (M1). Its superior border is the gyrus that splits the inferior and superior precentral gyri.
BA 6 ( left precentral and inferior frontal gyri, left inferior parietal cortex, left dorsal premotor cortex, right dorsal premotor or primary motor cortex, right orbitofrontal cortex, and bilateral lateral temporal cortex (Fig. 4H, 3D renderings; Fig. 5H , coronal slices). Again, the anterior inferior parietal activations are most likely in area AIP. The opposite contrast, Intransitive
Observation Ͼ Transitive Observation, produced small clusters at the border of the left precentral and inferior frontal gyri (located more ventrally than the Transitive Ͼ Intransitive cluster), left anterior superior temporal sulcus and middle temporal gyrus, and right inferior parietal cortex (Fig. 4I, 3D renderings; Fig. 5I , coronal slices). Whole-brain individual subject-level analyses using a 1% threshold Figure 6 shows the top 1% of activity in each subject's scan in each condition. All action conditions activated similar frontoparietal regions, including central sulcus, precentral and postcentral gyri, dorsal and ventral premotor cortex, ventrolateral prefrontal cor-tex, dorsolateral prefrontal cortex (probably including the frontal eye fields), and inferior and superior parietal cortex. Individual subjects' activations are overlaid in a group composite map ( Fig.  7A -C, 3D renderings; Fig. 8A-C, coronal slices) , which shows the number of subjects with above-threshold activation at a given voxel in each condition. The transitive and intransitive observa- tion conditions activated visibly similar regions, both when considering group-level activations compared with a low-actionexecution, low-action-perception rest condition ( Figs. 4 B, C,  5 B, C) and when considering conservatively thresholded individual subject-level activations without a comparison condition (Fig. 6 , Transitive and Intransitive Observation panels for each subject).
To identify brain regions that mapped observed actions onto the same substrates used to perform them, we performed a conjunction analysis, selecting voxels that were active in both the execution and transitive or intransitive observation conditions. The final two panels for each chimpanzee in Figure 6 shows these overlaps in individual subjects; Figure 7D , E show 3D renderings of a group composite map; Figure 8D , E show coronal slices of this group composite map. Regions of overlap between execution and transitive action observation included central sulcus, precentral and postcentral gyri, dorsal and ventral premotor cortex, ventrolateral prefrontal cortex, dorsolateral prefrontal cortex, and inferior and superior parietal cortex. Regions of overlap between execution and intransitive action observation are visibly very similar, both at the individual subjects level (Fig. 6 , Execution U Transitive/Instransitive Observation panels for each subject) and at the group level ( Figs. 7 D, E, 8 D, E) .
ROI analyses
Finally, we compared the ratio of the frontal and parietal ROI's volumes that contained above-threshold activation, both in the individual conditions and in the Execution U Transitive/Intransitive Observation conjunction analyses. Activity in both the frontal and parietal ROIs was significantly greater in each of the experimental conditions than in the rest condition, but there was no significant difference between the Transitive and the Intransitive Observation conditions (Fig. 9A) . Similarly, activity in the ROIs was not significantly different between the Execution U Transitive Observation and Execution U Intransitive Observation conjunction analyses (Fig. 9B ).
Comparison of chimpanzee and human grasping observation networks
Whole-brain analyses Figure 10 shows the top 1% of activation in the transitive observation condition for each of six human subjects, as well as composite group image of these activations rendered on the MNI template. The individual thresholded images in Figure 10A are comparable to the chimpanzee Transitive Observation panels in Figure 6 ; the composite group image is comparable to the chimpanzee image in Figure 7B . Differences between chimpanzee and human activations are grossly evident. Chimpanzee activation is focused mainly in frontal cortex, including especially prefrontal cortex, with relatively less activation in occipitotemporal and parietal cortex. In contrast, human activation is more evenly distributed between frontal, parietal, and occipitotemporal cortex.
ROI analyses
To assess these qualitative differences quantitatively, we measured the proportion of the total volume of abovethreshold activation that fell into each of a set of ROIs drawn in homologous regions of human and chimpanzee frontal, parietal, and occipitotemporal cortex. These ROIs are illustrated in Figure 11A and are anatomically defined in Table 2 . This comparison revealed significantly greater activation in ventrolateral prefrontal cortex in chimpanzees and greater activation in ventral premotor cortex, inferior parietal lobule, and inferotemporal cortex in humans (Fig. 11B ).
Discussion
This research characterized the responses of the chimpanzee action execution/observation system. We identified chimpanzee regions that were activated during performance of object-directed grasping, observation of the same action, and observation of similar movements performed without grasping any object. Group-level statistical comparisons between each of these conditions and rest highlighted small, focused activations in the hemisphere contralateral to the hand carrying out the task (Figs. 4, 6) ; conservatively thresholded scans in individual subjects revealed a distributed bilateral network (Figs. 6, 7, 8) . Chimpanzee regions that are more activated by producing than observing grasping include portions of inferior parietal cortex, including anterior intraparietal sulcus and probably the chimpanzee homolog of area AIP, somatosensory cortex, cerebellum, and premotor cortex (Figs. 4D,E, 5D,E). Chimpanzee regions that are more activated by observing than producing grasping include portions of superior temporal sulcus, inferotemporal cortex, occipitotemporal cortex, and inferior frontal gyrus (Figs. 4F,G, 5F,G). These results are, unsurprisingly, similar to activations reported in macaques and humans (for review, see (Orban and Jastorff, 2013 ). An important result of these analyses was that chimpanzee brain activations for observing transitive and intransitive actions are very similar (Fig.  5 ). There are a few small, constrained portions of chimpanzee frontoparietal cortex that are activated more by transitive than intransitive observation (Figs. 4H, 5H ), but the regions of overlap between execution and transitive observation are nearly identical to the regions of overlap between execution and intransitive observation (Figs. 7 D, E, 8 D, E) . Furthermore, in ROIs homologous to macaque regions that contain mirror neurons, there is no significant difference in activation for transitive and intransitive observation ( Fig. 9 ). This suggests that when a chimpanzee observes another individual performing hand movements, these are mapped onto almost the same brain regions that the chimp would use to produce those movements himself regardless of whether the movements lead to a physical result. This is similar to humans, who also map observed intransitive actions onto one's own motor system with somatotopic specificity (Buccino et al., 2001; Binkofski and Buccino, 2006; Filimon et al., 2007; Lui et al., 2008) . This result is in notable contrast to macaques, in which mirror neurons are strongly goal oriented (Umiltà et al., 2001) and do not respond to intransitive action (Rizzolatti et al., 1996) .
What might be the behavioral significance of chimpanzees' similar neural responses for transitive and intransitive action? Lyons et al. (2006) proposed that the macaque brain performs "intentional compression," boiling observed actions down to their environmental results. Our results suggest that the chimpanzee brain does not "compress" observed actions in this way. Chimpanzees map not only the results but also the movements of observed actions to the same brain regions that produce those actions. This may be a correlate of, and a prerequisite to, the ability to copy specific movements. Perhaps for an individual to copy the specific movements of an action, the brain must be capable of mapping those movements onto the same neural circuitry used to produce them. Therefore, perhaps macaques emulate results but do not imitate movements because their brains "mirror" interactions between hands and objects, but not manual movements apart from objects. Perhaps chimpanzees are capable of some limited imitation of movements because their brains, like ours, do "mirror" movements. This hypothesis could be investigated in other species that copy the specific movements of observed actions.
We also found that chimpanzee FCBm, the homolog to human BA 44, is more responsive to grasping actions than PFD/PF, which is homologous to human BA 40 ( Fig. 9 A, B) . This is similar to macaque 2-deoxyglucose studies in which observing grasping action caused signal increases between 7% and 19% in F5 and between 2% and 11% in PF/PFG (Raos et al., 2004; . This is also similar to macaque fMRI studies finding greater frontal activation and reduced parietal activation compared with humans during the perception of actions and objects (Vanduffel et al., 2002; Denys et al., 2004; Raos et al., 2004; ). In contrast, meta-analyses of Ͼ100 human fMRI and O 15 PET studies have reported comparatively more balanced frontal and parietal activations (Caspers et al., 2010; Molenberghs et al., 2012) . Our human FDG-PET study enabled a direct comparison with our chimpanzee activations. Differences in activation were grossly evident. Chimpanzee activation was focused mainly in frontal cortex, including especially prefrontal cortex, with relatively less activation in occipitotemporal and parietal cortex. In contrast, human activation was more evenly distributed among frontal, parietal, and occipitotemporal cortex (compare Transitive Observation panels in Figs. 6, 10) . Quantitatively, chimpanzees had significantly more activation in ventrolateral prefrontal cortex, whereas humans had significantly more activation in inferior parietal cortex, inferotemporal cortex, and ventral premotor cortex (Fig. 11) .
A limitation of the present study was that behavioral conditions and scan acquisition methods were not identical for chimpanzees and humans. This was because the human data were acquired as pilot data for a separate study. Due to the rarity of chimpanzee data and the even greater rarity of comparable human data, we performed opportunistic post hoc comparisons. Our analyses carefully controlled for methodological differences and, importantly, expectations for possible methodology-related differences in regional brain activation are opposite to what we observed, suggesting that observed differences in brain activation were not due to these methodological differences (Table 4 ). Further research is warranted to more precisely delineate chimpanzee/human differences, particularly during the observation of intransitive action.
Our results indicate that the neural response of chimpanzees to the observation of object-directed grasping is biased toward prefrontal cortex in a way that the response of humans is not. Conversely, the neural response of humans is biased toward parietal and occipitotemporal regions in a way that the response of chimpanzees is not. To be clear, there is abundant evidence of occipitotemporal and parietal response to transitive action observation in macaques and humans (for review, see Orban and Jastorff, 2013), and our data do indicate such responses in more specific representations, such as kinematics or proximate goals (Rozzi et al., 2008; and/or bottom-up perceptualmotor processes such as recognition, categorization, and sequencing (Jubault et al., 2007; Jastorff et al., 2010) , including the integration of semantic and motor information for complex tool use (Frey, 2007) . The observed prefrontal bias in chimpanzee brain response during transitive action observation thus suggests greater functional investment in high-level representations and topdown control processes, compared with a human condition displaying relatively greater reliance on specific representations and bottom-up perceptual recognition. This functional difference parallels behavioral evidence. When copying others' behavior, humans have a greater propensity for copying action details (imitating), whereas chimpanzees have a greater propensity for copying action outcomes (emulating) (Whiten et al., 2009). Similarly, when monitoring their own behavior, . Quantification of activity in chimpanzee regions homologous to those that contain mirror neurons in macaques. A, ROI activation in individual conditions. Percentage of ROIs active in each condition were averaged across subjects. An initial repeated-measures ANOVA showed no effect of hemisphere, so data were averaged bilaterally for each ROI. Activation was greater in execution, transitive observation, and intransitive observation relative to rest, as measured with a repeated-measures ANOVA (main effect of task condition, F (3, 9) ϭ 14.185, p Ͻ 0.001; individual comparisons, p ϭ 0.004, 0.007, and 0.026, respectively). In addition, the FCBm was more active than PFD/PF (main effect of region, F (1,3) ϭ 17.386, p ϭ 0.014). B, ROI activation in conjunction analyses. Percentage of voxels in top 1% of execution condition which were also in top 1% of transitive observation or intransitive observation conditions in FCMb and PF, averaged across subjects. A repeated-measures ANOVA revealed no effect of condition, but a main effect of region (F (1,3) ϭ 16.076, p ϭ 0.028); the frontal ROI was more active than the parietal ROI.
humans have a bias toward monitoring kinematics, whereas chimpanzees have a bias toward monitoring goals (Kaneko and Tomonaga, 2012) . Humans' increased attention to their own and others' action details has been identified as a key factor in the emergence of imitation, cumulative culture, and the complex object-related behaviors they enable (Tennie et al., 2009; Dean et al., 2012) ; the results reported here offer a window into the neural and cognitive bases of these adaptations. 
Difference between human and chimpanzee experiments
Expected result if this difference is great enough to significantly affect the pattern of brain activation Evaluation of data Humans received intravenous, 10 mCi doses of fluorodeoxyglucose, whereas chimpanzees received oral, 15 mCi doses.
This might cause differences in the overall level of activity across the brain (i.e., human scans might have greater absolute brightness).
Each scan was normalized to its own mean intensity value, so the average intensity of each image is exactly equal to 1. Identical thresholding methods were applied to both species. Above-threshold voxels in each ROI were normalized as a percentage of the total above-threshold voxels in the entire brain. These steps control for possible differences in the overall level of brain activity. Human stimuli were 2D videos, whereas chimpanzee stimuli were 3D live demonstrations.
PMv is involved in processing 3D shape from visual disparity (stereopsis) (Georgieva et al., 2009; Joly et al., 2009 ). This might cause greater PMv activation in chimpanzees than humans. In addition, a lower percentage of macaque mirror neurons are activated by videos than by live demonstrations (Caggiano et al., 2011) . This might cause greater chimpanzee activation in regions homologous to those that contain mirror neurons in macaques.
Humans had greater activation than chimpanzees in both ventral premotor cortex and inferior parietal cortex. This suggests that species differences in the pattern of brain activation are not due to differences in the dimensionality of the stimuli.
Human stimuli consisted only of a hand, the lower portion of the arm, the tabletop, and graspable object, whereas chimpanzee stimuli included an entire human demonstrator as well as the testing box in which the grasping actions were performed.
In monkeys, observation of only a hand grasping an object activates more rostral regions of VLPFC and PMv (areas 46, 45A, 45B, and rostral F5), whereas observation of an entire demonstrator grasping an object also activates caudal F5 (Nelissen et al., 2005) . This might cause frontal activations to extend more caudally than in chimpanzees than humans.
Frontal activations extended more caudally in humans than chimpanzees; PMv contained a significantly greater proportion of total brain activation in humans than chimpanzees ( Figure  11 ). This suggests that species differences in the pattern of brain activation are not due to differences in scene complexity. Chimpanzee stimuli included a more prominent reaching action than human stimuli.
Observed reaching activates more dorsal regions of premotor cortex than observed grasping (Filimon et al., 2007) . This might cause greater PMd activation in humans than chimpanzees.
PMd activation was not significantly different between humans and chimpanzees (Figure 11 ). This suggests that species differences in the pattern of brain activation are not due to differences in the prominence of the observed reaching action.
Possible methodology-related differences in regional brain activation were either controlled for using normalization procedures or are opposite to what we observed; therefore, these differences are not likely to have contributed to differences in observed activation. PMv, ventral premotor cortex; PMd, dorsal premotor cortex; VLPFC, ventrolateral prefrontal cortex; IPL, inferior parietal lobule.
